One of the greatest challenges of terrestrial vegetation is to acquire water through soil-grown roots. Owing to the scarcity of high-quality water in the soil and the environment's spatial heterogeneity and temporal variability, ranging from extreme flooding to drought, roots have evolutionarily acquired tremendous plasticity regarding their geometric arrangement of individual roots and their three-dimensional organization within the soil. Water deficiency has also become an increasing threat to agriculture and dryland ecosystems due to climate change. As a result, roots have become important targets for genetic selection and modification in an effort to improve crop resilience under water-limiting conditions. This review addresses root plasticity from different angles: Their structures and geometry in response to the environment, potential genetic control of root traits suitable for water-limiting conditions, and contemporary and future studies of the principles underlying root plasticity post-Darwin's 'root-brain' hypothesis. Our increasing knowledge of different disciplines of plant sciences and agriculture should contribute to a sustainable management of natural and agricultural ecosystems for the future of mankind.
Introduction: The Challenge of Water Acquisition and Root Phenotypic Plasticity
As plants colonized the land hundreds of million years ago, replenishing their declining water supply has become one of their greatest challenges. Water deficiency has also become one of the most detrimental environmental stresses in agricultural and ecological systems, exacerbated by increasing climate change [1, 2] . On a global scale, climate variation explains a third of crop yield variability [3] . In substantial areas, for example in parts of Western Australia, over 60% of wheat yield variability can be explained by climate variability [3] . In this context, water shortages are responsible for the greatest crop losses around the world [4] . Within the U.S. alone, approximately two thirds of all crop losses in the last 50 years have been due to drought [4] , and more frequent occurrences of water shortages are expected due to climate projections and increasing competition for water among urban, industrial, and agricultural demand [4] . Drought also causes reduction in global terrestrial net primary production, which is the amount of atmospheric carbon fixed by plants and accumulated as biomass [5] . A continued decline in net primary production is expected to weaken the terrestrial carbon sink and to intensify competition between food demand and biofuel production [5] .
To mitigate episodes of water deficiency, plants have evolutionarily acquired different developmental and defense responses, which are often classified as: (i) 'Escape', which consists of environmentally regulated developmental programming to evade the stress, such as seasonal-dependent germination (regulated by day length), stimulus-dependent germination (regulated by soil moisture or temperature), flowering time (to avoid terminal drought); (ii) 'Avoidance', which includes developmental, morphological, and physiological adaptations to minimize the effects of an existing stress, such as osmotic adjustments [6] , stomata aperture control to maintain leaf water potential [7] , reducing stomata density [8, 9] , and changes in root architecture and traits; and (iii) 'Tolerance', which is the ability to survive a stressful situation while maintaining basic biological processes. An extreme example is abscisic acid (ABA) signaling in resurrection plants [10] . Such survival mechanisms come into action when drought become too severe, and drought avoidance mechanisms are no longer sufficient [11] . The physiological integrity of a plant is maintained if avoidance and tolerance mechanisms are sufficient to prevent damage [11] .
Phenotypic plasticity is defined as the ability of an organism to change its phenotype in response to environmental conditions [12, 13] . To better understand root plasticity, first, it is necessary to view the structure of the root system, or as it is most commonly referred to, the Root System Architecture (RSA), defined as the geometric arrangement of individual roots within the plant root system in the three-dimensional soil space [14] [15] [16] . Both monocotyledon (monocot) and dicotyledon (dicot) root systems consist of embryonically derived primary roots (the radicle), lateral roots that branch from primary roots, and further branching of lateral roots from previously formed lateral roots. Furthermore, both monocots and dicots may develop adventitious roots from non-root tissues (e.g., from the scutellum in monocots, and from lower underground stem nodes in both monocots and dicots). The maize root system consists of a primary root that develops from the radicle, seminal roots that branch from the scutellar node, crown roots, which are roots post-embryonically derived from the lowermost belowground nodes of the stem, and brace roots that develop from above-ground stem nodes. The primary and seminal roots are highly branched and fibrous. Similar fibrous root systems are found in other cereals such as wheat and rice [15, 16] . The crown roots are relatively unimportant in younger seedlings, in contrast to primary and seminal roots. However, crown roots continue to branch and develop throughout the vegetative stage and they sometimes comprise the major part of the root system. The root system of dicots consists of a primary (tap) root and its branch roots. Basal roots may arise from the base of the tap root and in addition, adventitious roots may develop from the stem and hypocotyl, analogous to the crown roots in cereals. The ability of roots to develop from non-root tissues gives them tremendous flexibility in a wide range of habitats for improving water and mineral acquisition and to serve as physical support (particularly in trees). RSA varies widely among species, even among those living in the same habitat and at the same time. It also varies tremendously within the same species, depending on the underground and aboveground conditions, with great plasticity for resource acquisition, including water [17] .
Typical root development includes the formation of root hairs, which are extensions of epidermal cells. This development occurs in a defined zone of the root behind the elongation zone. Root hairs (and rhizosheath) greatly increase root-soil contact and the surface area available for adsorbing water and nutrients [18] and for plant-microbe interactions [19] . In many plant species, every root epidermal cell has the potential to differentiate into a root hair. In other species (including Arabidopsis) the root epidermis consists of alternating groups of cells that are either atrichoblats (cannot form root hairs) or trichoblasts (can form root hairs). Arabidopsis mutants lacking root hairs are highly vulnerable to drought stress and exhibit reduction in water absorption [20] . A similar response was observed in root-hairless mutants of barley, which exhibited a higher susceptibility to drought stress than did their parent cultivar [21] . In common bean, it was demonstrated that a longer root hair phenotype has superior biomass accumulation (89%) compared with a short root hair phenotype under phosphorous stress conditions [22] . Thus, root hairs are important as environmental sensors and for acquiring nutrients and water.
To facilitate research toward crop improvement, scientists have suggested describing the phenotype of roots in sub-phenotypic elements termed phenes [23] . A phene is an element of the phenotype; it is analogous to a gene being an element of the genotype. Phene states represent the variation in form and function of a particular phene [23] . For breeding purposes, phenes may consist of any trait that contributes to root function: Developmental, anatomical, metabolic, and physiological. Phenes that influence the same functions (e.g., specific nutrient acquisition or utilization) most likely operate within a phene module. Better understanding how root phenes interact to affect soil resource acquisition will serve as an important tool in breeding crops with superior stress tolerance and reduced dependence on inputs. For example, root hairs and larger diameter root tips in cereals were associated with water acquisition from drying soils. These anatomical phenes could be targets for crop improvement [24] . Similarly, maize phenes associated with nitrogen and phosphorus acquisition have also been identified [25, 26] .
Phenes can be further assembled into a broader characteristic ideotype, regarded as a biological model expected to perform and behave in a specific manner within a defined environment. In particular, the ideotype is expected to yield a greater quantity and quality when developed as a cultivar [27] . For example, an ideotype consisting of specific phenes that may contribute to rooting depth in maize under water-limiting conditions has been described [28] -for example, a large diameter of primary root with long laterals and long root hairs. [28] . On the other hand, breeding crops for irrigated agricultural systems requires defining other ideotypes that are more efficient in water and nutrient acquisition from shallow strata [27] .
From an ecological perspective, increasing evidence over recent years suggest that root traits may explain a range of ecosystem properties better than shoot traits [29] . For example, root traits have been found to explain soil microbial community composition, availability of nitrogen, rates of nitrification, and plant performance at a population level [29] .
Root Phenotyping: In Vitro, in Soil, and in the Field
In the past few years, we have witnessed impressive progress in our ability to monitor root development in soil-grown plants, mainly by using instruments that were originally designed for medical diagnostics. These include MRI and X-ray computer tomography [30] . These technologies enable one to characterize root developmental patterns in soil, in response to the distribution of various resources including phosphate and water [30] [31] [32] [33] . Furthermore, these technologies facilitate characterizing gene functions while determining precise root growth patterns, including the angle of roots [34] and the emergence of lateral roots [31, 32, 35] . Such technologies have also been used for determining water content and distribution in the vicinity of the root growing in mini-lysimeters by fitting their size to that of the MRI transmitter coil [36] , or by using X-ray computer tomography with image-based modeling to detect plant water uptake in soil columns [37, 38] . However, none of these technologies are suitable for field studies. Indeed, one of the greatest challenges in plant phenotyping is field-based root phenotyping in natural ecosystems and in crops [39, 40] . Nevertheless, progress is being made in developing imaging technologies and computational tools (modeling and in-depth learning) for field-based root phenotyping [41] [42] [43] . These innovations are being integrated into broader, multiscale models of plant behavior, ranging from molecules, through cells, organs, to whole plants and ecosystems [44, 45] . The holistic models of crops in the context of their ecosystems are important for developing sustainable agriculture in a world that increasingly requires a substantial increase in food production while facing the detrimental effects of climate change. Other established methodologies, like aeroponics, provide certain advantages for studying specific aspects of root biology [46] [47] [48] .
Although these approaches have greatly enhanced our understanding of root development and responses to the environment, further understanding of root behavior requires detecting cellular and inter-cellular signals in the root and their spatial and temporal dynamics. To date, these approaches cannot be elucidated in soil-grown plants, with the exception of certain abilities with the GLO-Roots system [49] . Therefore, in parallel to the increased improvements in the phenotyping of soil-grown roots, other researchers have developed in vitro technologies to investigate root behavior under tightly regulated conditions and at high resolution. For example, the microfluidic-based root-chip is one of these approaches [50] [51] [52] [53] [54] [55] . It allows precise manipulations of the root's microenvironment with control of different stimuli, while combining stimuli, strength of stimuli, as well as symmetric and asymmetric distribution of stimuli (chemical and physical). In addition, use of microfluidic root-chip technology allows one to monitor signals at single-cell resolution, as well as inter-cellular long-distance signaling. These in vitro studies of real-time root behavior, in association with cellular signals, can be achieved using state-of-the-art microscopy [35, 56] . Thus, in soil and in vitro methodologies should be considered complementary towards elucidating the mechanisms underlying root behavior and root plasticity in response to environmental cues. However, in vitro phenotyping systems should be considered with caution, particularly if roots are monitored in the light, as light shortens root length, promotes early emergence of lateral roots [57] , causes the accumulation of flavonols [58] , and alters the Pi starvation response [59] . Therefore, certain in vitro root phenotyping systems (e.g., D-Root) provide the conditions of cultivation in the dark [57] .
Deep-Root Systems
Root system size and distribution determine access to water. In rain-fed agricultural systems, drought may be transient for short periods, or extend through the growing season, possibly leading to terminal drought, which occurs after flowering. In fact, drought is considered the most significant abiotic stress affecting crop yields in some areas, like in Mediterranean-type environments [60] . The ability of roots to reach deeper soils where water content is less variable than in shallow soils, particularly under drought conditions [60] , has often been associated with drought tolerance. In different crops, quantitative trait loci (QTLs) for deep roots have been identified and found to enhance yield under drought conditions, for example, in rice, where the gene DEEPER ROOTING 1 (DRO1) was cloned after being associated with a QTL for deep roots [61] . DRO1 expression is negatively regulated by auxin and is involved in cell elongation in the root tip, which causes downward bending of the root in response to gravity. Higher expression of DRO1 increases the root growth angle, whereby the root is in a more downward direction. Introducing DRO1 into a shallow-rooting rice cultivar, by backcrossing, enables the resulting line to avoid drought by increasing deep rooting, which increases rice yield under drought conditions [61] . Similarly, introgression lines of wheat, in which alleles from the wild tetraploid wheat for deep roots have been introduced into hexaploidy cultivated wheat, also increased drought avoidance and improved yield under drought conditions [62] . DRO1-like genes prevail in diverse plant phyla, ranging from mosses to angiosperms [63, 64] . They belong to the IGT gene family (containing the highly conserved three amino-acid motif Isoleucine, Glycine, Threonine), which also includes Tiller Angle Control 1 (TAC1), Negative Gravitropic Response of Roots (NGR), and LAZY1, which are known to affect the orientation of lateral roots and shoots, and have been shown to be reasonable targets for manipulating RSA [63, 64] . In wheat, the EAR-like motif IVLEM at the C-terminus of the TaADRO1-like and TaDDRO1-like is the hallmark of these proteins. TaDRO1-like interacts with TOPLESS, a repressor of auxin-regulated root-promoting genes, through the IVLEM/KLHTLIPNK motif [64] .
The ability of roots to grow deeper into soil is not only determined by the genetic makeup of the species, it is also a common response to water deficiency. This phenomenon was referred to as xerotropism [65] (Figure 1 ), which is defined as the tendency of plants, or plant parts, to alter their position in order to protect themselves from desiccation. Here, xerotropism involves desiccation-induced enhancement of the root gravity response, through changes in auxin biosynthesis, transport, or signaling capacity. Thus, steeper root growth angles improve water capture in several crops [40] . In real soil conditions, roots encounter water patches and respond by the emergence of lateral roots to the direction of the water contacts, a phenomenon termed hydropatterning [31, 65] , which is mediated by auxin signaling [31, 35] . In contrast, roots encountering dry soil patches or air suppress lateral root formation, a phenomenon called xerobranching [32] , which is mediated by abscisic acid (ABA) signaling. This is reminiscent of the inhibition of the emergence of crown roots in cereals under drought situations [40, 66] . (C) When top soil layers are drying and deep soil layers retain sufficient water, roots may exhibit a phenomenon called xerotropism, in which the response of roots to gravity is enhanced (mediated by auxin), thus forming deeper roots with reduced angles with respect to the gravity vector [49, 65] . Interestingly, xerotropism is not mediated by MIZ1 [65] , which is specifically associated with hydrotropism. (D) Water potential asymmetry across the root may promote root curvature towards water (hydrotropism) [67] [68] [69] [70] [71] . Images of roots of soil-grown plants exhibiting xerotropism and hydropatterning can be seen in the articles cited above and in a recent review [30] . In the illustrations (A to D), darker blue represents higher water content, whereas white areas depict low water content.  denotes water potential.
It should be noted that root penetration into the soil depends on both the root properties and soil conditions [72] . In drying soils, mechanical constraints limit root elongation. Moreover, in drying soils, the supply of water to the root may be limited and therefore, the hydrostatic pressure in roottip cells may be insufficient to drive cell elongation underlying root elongation [72] . Moreover, the complex composition of the soil may have specific effects in different ecosystems. For example, in desert Aleppo pine forests, rocky cover and soil stoniness attenuate soil evaporation, which improves tree survival under water-limiting conditions, associated with larger soil water storage, reduced number of days under the wilting point, and consequently results in larger root systems and larger trees [73] .
Another important function of deep roots is their involvement in a phenomenon referred to as 'hydraulic lift' [74] [75] [76] . In this process, water absorbed by deep roots moves upwards through the roots; later at night it is released in the upper soil and is stored there until it is resorbed by shallow roots the following day. Hydraulic lift is a specific case of hydraulic redistribution; it can be defined as the movement of water between soil layers with contrasting water potentials, through the plant root system. This phenomenon is most common in shrubs and trees [77] [78] [79] . Importantly, hydraulic lift not only provides water and nutrients to roots of a particular plant growing in shallow soil, it also water-sufficiency and homogeneous water distribution in the soil surrounding the roots. In these conditions, the root system is likely to develop symmetrically around the root axis. (B) In real soil conditions, roots encounter water patches and respond by the emergence of lateral roots to the direction of the water contacts, a phenomenon termed hydropatterning [31, 65] , which is mediated by auxin signaling [31, 35] . In contrast, roots encountering dry soil patches or air suppress lateral root formation, a phenomenon called xerobranching [32] , which is mediated by abscisic acid (ABA) signaling. This is reminiscent of the inhibition of the emergence of crown roots in cereals under drought situations [40, 66] . (C) When top soil layers are drying and deep soil layers retain sufficient water, roots may exhibit a phenomenon called xerotropism, in which the response of roots to gravity is enhanced (mediated by auxin), thus forming deeper roots with reduced angles with respect to the gravity vector [49, 65] . Interestingly, xerotropism is not mediated by MIZ1 [65] , which is specifically associated with hydrotropism. (D) Water potential asymmetry across the root may promote root curvature towards water (hydrotropism) [67] [68] [69] [70] [71] . Images of roots of soil-grown plants exhibiting xerotropism and hydropatterning can be seen in the articles cited above and in a recent review [30] . In the illustrations (A to D), darker blue represents higher water content, whereas white areas depict low water content. Ψ denotes water potential.
It should be noted that root penetration into the soil depends on both the root properties and soil conditions [72] . In drying soils, mechanical constraints limit root elongation. Moreover, in drying soils, the supply of water to the root may be limited and therefore, the hydrostatic pressure in root-tip cells may be insufficient to drive cell elongation underlying root elongation [72] . Moreover, the complex composition of the soil may have specific effects in different ecosystems. For example, in desert Aleppo pine forests, rocky cover and soil stoniness attenuate soil evaporation, which improves tree survival under water-limiting conditions, associated with larger soil water storage, reduced number of days under the wilting point, and consequently results in larger root systems and larger trees [73] .
Another important function of deep roots is their involvement in a phenomenon referred to as 'hydraulic lift' [74] [75] [76] . In this process, water absorbed by deep roots moves upwards through the roots; later at night it is released in the upper soil and is stored there until it is resorbed by shallow roots the following day. Hydraulic lift is a specific case of hydraulic redistribution; it can be defined as the movement of water between soil layers with contrasting water potentials, through the plant root system. This phenomenon is most common in shrubs and trees [77] [78] [79] . Importantly, hydraulic lift not only provides water and nutrients to roots of a particular plant growing in shallow soil, it also provides water to neighboring plants and to root-associated microorganisms. Thus, hydraulic lift has vast implications on ecological systems, and it has also been considered for improving agricultural practices. For example, species exhibiting hydraulic lift can be combined with crops with shallow roots [80] . More recently, it was shown that hydraulic lift may even enhance surface soil nitrogen cycling and nitrogen uptake into plants [81] . Thus, deep root systems allow access to deep soil water under drought conditions and contribute to maintaining various biological activities in shallow soils.
Interestingly, cases of rapid evolution of invasive plant species have been associated with dramatic changes in root length [48] . The American-native annual plant Heterotheca subaxillaris (camphor-weed), which was introduced from southwest USA to the Israeli Mediterranean coastline in the 1970s for stabilizing sand dunes and preventing sand movement into agricultural areas, quickly spread, escaped its original planting areas, and has colonized extensive areas of the coastal sand dunes and beyond. Importantly, it has become a perennial plant that survives the dry summer period [48] . Comparative analysis of the roots of native USA plants with those of the invasive plant in the aeroponic growth facility at the Sarah Racine Root Research Laboratory at Tel Aviv University [46] revealed that whereas the roots of the native American plants reached a maximum of 1.5 m in length, those of the invasive plant reached lengths exceeding 5 m, and the root biomass of the latter was about three times larger than that of the former one [48] . The invasive plant also develops up to seven times more inflorescences per plant and a similar fold difference in achenes (seed) number (over 130,000 per plant). Understanding the rapid evolution of deep roots in invasive species may provide clues to improving root traits of crop plants suitable for water-limiting environments.
Root Branching towards Water-More Is Not Necessarily Better
The phytohormone auxin functions as a positive regulator of lateral root development [82] [83] [84] . In recent years, using the imaging technologies described in Section 2, specific responses of roots to water and water deficiency have been reported. Apparently, plant roots use a hydropatterning mechanism to position lateral root branches toward available water [31] . This phenomenon involves auxin signaling in response to water potential differences across the roots. It was suggested that hydraulic conductivity is the key environmental variable driving this process [31] . It was also found that root growth, per se, is required for the perception of water availability to pattern root branches [85] . More recently, the signaling pathway underlying hydropatterning has been explored in greater detail. Apparently, hydropatterning is mediated by posttranslational modifications of the transcription factor ARF7 [35] . Although ARF7 is evenly expressed around the circumferential axis of the root, it induces differential expression of its target gene LATERAL ORGAN BOUNDARIES-DOMAIN 16 (LBD16) in lateral root founder cells. Namely, LBD16 is expressed on the side of the root that is in contact with water, but not on the side that is in contact with air (dry side) [35] . This differential expression pattern of LBD16 is regulated by differential posttranslational modification of ARF7 with the small ubiquitin-like modifier (SUMO) protein [35] . ARF7 SUMOylation negatively regulates ARF7 DNA-binding activity because SUMOylated ARF7 recruits the Aux/IAA repressor protein IAA3. Blocking ARF7 SUMOylation disrupts IAA3 recruitment and hydropatterning (on the air-exposed dry side of the root). The exact mechanism by which water potential differences across the root are translated to asymmetric cellular signals is currently unknown. What are the primary receptors of water potential differences or hydraulic conductivity, and what second messengers operate to transduce the perceived water potential differences [86, 87] ?
Whereas wet soil patches promote lateral root formation (hydropatterning), dry soil inhibits lateral root development, a phenomenon called xerobranching, which is mediated by ABA [32] . Similarly, drought conditions suppress shoot-borne crown roots in grasses, possibly to conserve water [66] , suggesting a "water banking" scenario under water-limiting conditions. In water-limited cropping environments, saving water during vegetative growth for use during flowering and grain filling may become of great importance [88] . It was suggested that roughly 30% of the total supply of water utilized by a grain crop should be available at the time of flowering in order to produce a substantial amount of grain [88] . However, in field experiments, fewer crown roots under drought stress lead to longer crown roots that facilitate water acquisition from subsoil and thus improve drought tolerance in maize, not because of water conservation but because of a better water supply from deeper soil strata [40] . The rationale suggested [40] is that for acquiring a mobile soil resource such as water, the production of too many lateral roots is counterproductive by increasing intra-plant competition for internal resources (primarily carbohydrates) needed for root growth, as well as competition for capturing mobile soil resources, mainly water in this case [40] . Further evidence to support this hypothesis was provided by analyzing maize recombinant inbred lines under water stress in field rainout shelters, under natural drought conditions in the field. Apparently, water stress reduces lateral branching of crown roots, and lines with fewer lateral roots under stress have substantially deeper roots, greater capture of subsoil water, and consequently, improved plant water status, leaf photosynthesis, biomass, and yield [89] . Overall, plants can apparently make decisions regarding whether to conserve water for use at later stages of their life cycle, particularly at flowering and grain filling, or they can make the best of the available resources to enhance growth. Root plasticity is a major player in such decision-making.
Root Curvature Towards Water-Hydrotropism
Although hydropatterning increases root surface contact with water via developing lateral roots, and xerotropism promotes root growth toward deep soil water if there is water deficiency in the top soil layers, the typical non-homogenous water distribution in the soil surrounding the roots is sensed by the root, leading to root curvature towards the water source (sites of higher water potential). This phenomenon was described by Darwin and Darwin [67] and later termed hydrotropism [90, 91] , whose purpose is to place the roots near water. According to Darwin and Darwin [67] , the root tip senses the water status near the root, and subsequently sends a signal to the elongation zone, where differential growth of cells on one side of the root causes it to curve towards the water source. Studies of hydrotropism revealed that ABA signaling is involved, and indeed, ABA signaling mutants exhibit attenuated hydrotropism [71] . However, ABA across the root has not been shown to form a concentration gradient or other types of asymmetric distribution corresponding to water potential differences across the root. Therefore, the specific role of ABA in hydrotropism signaling remains to be determined.
Forward genetics approaches to isolate mutants in the hydrotropic response first revealed an ahydrotropic mutant with a point mutation in a gene named MIZ1 (At2g41660) [68] , until recently of unknown cellular or biochemical function. The mutation in MIZ1 that abolished hydrotropism substitutes a Glycine to Glutamic acid at position 235 [68] . Another amino acid substitution in MIZ1 that abolishes hydrotropism is a Glycine to Glutamic acid change at position 203 [92] . These two Glycine residues are conserved in all 12 Arabidopsis MIZ-related proteins, which are proteins containing a DUF617 domain [68] . The miz2 mutant that abolished hydrotropism is a weak allele of GNOM [93] . Interestingly, T-DNA insertions in the 3' untranslated region of MIZ1 also abolish hydrotropism [92] , suggesting that RNA stability and translation play a role in MIZ1 regulation. How MIZ2 (GNOM) is involved in hydrotropism is presently not clear. This is particularly intriguing because GNOM is well known for its role in auxin transport by regulating vesicle trafficking of PIN proteins to the membrane. However, in Arabidopsis, hydrotropism does not seem to be mediated by PIN trafficking [94] , which is consistent with the finding that in Arabidopsis, in contrast to gravitropism, hydrotropism does not require auxin redistribution [95] . Moreover, in Arabidopsis, auxin is antagonistic to hydrotropism [95] . Thus, the relationships between the auxin transport machinery (including PIN proteins), MIZ1, MIZ2, and hydrotropism are not well understood. Contrasting effects of reactive oxygen species (ROS) on gravitropism and hydrotropism have also been described, in which ROS in root tips acts as a negative regulator of hydrotropism and a positive regulator of gravitropism [96] . ABA acts as a positive regulator of hydrotropism but as a negative regulator of gravitropism (reviewed by [79] ).
According to Darwin's hypothesis, there should be a long-distance signal from the root tip to the elongation zone. This signal should be asymmetric across the root, reflecting differences in water potentials across the root. The signal should reach the elongation zone to promote asymmetric cell elongation on opposite sides of the root to confer root curvature. Whereas Dietrich et al. [71] suggested, based on root tip ablation experiments, that the root tip is not required for the hydrotropic response, recently Shkolnik et al. [56] revealed a long-distance asymmetric Ca 2+ signal from the root tip to the elongation zone in Arabidopsis, which is required for root curvature in response to water potential difference across the root [56] . The asymmetric Ca 2+ signal that reaches the elongation zone, precedes root curvature, and is required for it to occur [56] . It remains unknown how the asymmetric Ca 2+ signal that reaches the elongation zone is translated to differential cell elongation. Nevertheless, part of the mechanism generating the long-distance Ca 2+ signal has been revealed [56] . Apparently, MIZ1 is a negative regulator of the endoplasmic reticulum (ER) Ca 2+ pump ECA1, a Ca 2+ -ATPase of the Sarcoplasmic Reticulum family in animals (SERCA), which participates in maintaining cytosolic Ca 2+ by removing it from the cytosol to the ER. In response to water potential differences across the root, inhibition of ECA1 by MIZ1 temporarily blocks this activity, which causes an increase in cytosolic Ca 2+ , underlying the long-distance signal from the root tip to the elongation zone (Figure 2) . The mechanism by which an asymmetric Ca 2+ signal is generated to reflect the asymmetric distribution of water across the root remains to be determined. The effects of ABA, Auxin, Ca 2+ and ROS on hydrotropism and gravitropism are schematically described in [70] . suggested, based on root tip ablation experiments, that the root tip is not required for the hydrotropic response, recently Shkolnik et al. [56] revealed a long-distance asymmetric Ca 2+ signal from the root tip to the elongation zone in Arabidopsis, which is required for root curvature in response to water potential difference across the root [56] . The asymmetric Ca 2+ signal that reaches the elongation zone, precedes root curvature, and is required for it to occur [56] . It remains unknown how the asymmetric Ca 2+ signal that reaches the elongation zone is translated to differential cell elongation. Nevertheless, part of the mechanism generating the long-distance Ca 2+ signal has been revealed [56] . Apparently, MIZ1 is a negative regulator of the endoplasmic reticulum (ER) Ca 2+ pump ECA1, a Ca 2+ -ATPase of the Sarcoplasmic Reticulum family in animals (SERCA), which participates in maintaining cytosolic Ca 2+ by removing it from the cytosol to the ER. In response to water potential differences across the root, inhibition of ECA1 by MIZ1 temporarily blocks this activity, which causes an increase in cytosolic Ca 2+ , underlying the long-distance signal from the root tip to the elongation zone ( Figure 2) . The mechanism by which an asymmetric Ca 2+ signal is generated to reflect the asymmetric distribution of water across the root remains to be determined. The effects of ABA, Auxin, Ca 2+ and ROS on hydrotropism and gravitropism are schematically described in [70] . Figure 2 . Illustration of the assumed mechanism of MIZ1-regulated generation of a cytosolic Ca 2+ signal required for root hydrotropism [56] . MIZ1, an ER-associated protein from the side of the cytosol [97] , is a negative regulator of ECA1, a Ca 2+ efflux carrier localized in the ER. Hydrostimulation occurs when the root tip is subjected to a water potential gradient (asymmetry) across the root. (A) When the root is unstimulated (homogeneous distribution of water across the root tip), ECA1 is fully active and maintains a low cytosolic Ca 2+ concentration. Under these conditions, a long-distance Ca 2+ signal is not generated. (B) When the root is hydrostimulated, MIZ1 binds to ECA1 [56] and attenuates its activity. Consequently, cytosolic Ca 2+ levels rise and an asymmetric long-distance Ca 2+ signal is generated in the phloem. The Ca 2+ signal peaks at the elongation zone, where differential cell elongation across the root occurs and consequently root curves towards water. (C) When the root is hydrostimulated in the miz1 mutant, the mutant protein miz1 is unable to inhibit ECA1 and consequently a Ca 2+ signal cannot be generated [56] , hence root bending does not occur [56] . However, how this cellular mechanism of enhanced cytosolic Ca 2+ in response to hydrostimulation generates a long-distance Ca 2+ signal in the phloem [56] has yet to be determined.
Since MIZ1 is a newly discovered regulator of Ca 2+ signaling in plants [56] and is unique to land plants [68] , further structural investigations of MIZ1/ECA1 interactions may shed light on this signaling system. It would be intriguing to determine whether other MIZ-related proteins (i.e., proteins containing the DUF617 domain) in Arabidopsis (12 in total) are regulators of Ca 2+ signaling and participate in tropisms, stress responses, and RSA plasticity, since several of these genes are expressed in roots (based on the Arabidopsis eFP Browser at 'bar.utoronto.ca' website). Illustration of the assumed mechanism of MIZ1-regulated generation of a cytosolic Ca 2+ signal required for root hydrotropism [56] . MIZ1, an ER-associated protein from the side of the cytosol [97] , is a negative regulator of ECA1, a Ca 2+ efflux carrier localized in the ER. Hydrostimulation occurs when the root tip is subjected to a water potential gradient (asymmetry) across the root. (A) When the root is unstimulated (homogeneous distribution of water across the root tip), ECA1 is fully active and maintains a low cytosolic Ca 2+ concentration. Under these conditions, a long-distance Ca 2+ signal is not generated. (B) When the root is hydrostimulated, MIZ1 binds to ECA1 [56] and attenuates its activity. Consequently, cytosolic Ca 2+ levels rise and an asymmetric long-distance Ca 2+ signal is generated in the phloem. The Ca 2+ signal peaks at the elongation zone, where differential cell elongation across the root occurs and consequently root curves towards water. (C) When the root is hydrostimulated in the miz1 mutant, the mutant protein miz1 is unable to inhibit ECA1 and consequently a Ca 2+ signal cannot be generated [56] , hence root bending does not occur [56] . However, how this cellular mechanism of enhanced cytosolic Ca 2+ in response to hydrostimulation generates a long-distance Ca 2+ signal in the phloem [56] has yet to be determined.
Since MIZ1 is a newly discovered regulator of Ca 2+ signaling in plants [56] and is unique to land plants [68] , further structural investigations of MIZ1/ECA1 interactions may shed light on this signaling system. It would be intriguing to determine whether other MIZ-related proteins (i.e., proteins containing the DUF617 domain) in Arabidopsis (12 in total) are regulators of Ca 2+ signaling and participate in tropisms, stress responses, and RSA plasticity, since several of these genes are expressed in roots (based on the Arabidopsis eFP Browser at 'bar.utoronto.ca' website).
Finally, it should be noted that since certain tropic responses (e.g., thigmotropism) induce the formation of a lateral root at the root bending point [98, 99] , which therefore contributes to RSA, it is of interest to determine if this is also the case with other tropic responses (e.g., hydrotropism). Moreover, it is of interest to determine the extent of the contribution of tropic responses to overall RSA resulting from the perception of environmental stimuli.
Acclimation to Dehydration-Root Morphology, Cellular Anatomy, Root-to-Shoot and Root-to-Root Signaling
The developmental and tropic responses described above (hydropatterning, xerotropism, and hydrotropism) facilitate plant contacts with water in the soil. However, these responses alone do not guarantee water acquisition from the soil. According to the cohesion-tension theory [100, 101] , water acquisition by plants is a physical process dependent on the water potential differences between soil water and those of water in the plant, and are driven mainly by the low atmospheric water potential. Therefore, this process requires: (i) Continuous water flow (either as liquid or vapor) from the soil into the root; (ii) radial movement across the root (by symplastic, transcellular, or apoplastic pathways) into the xylem water conduits; (iii) water flow up to the shoot via xylem vessels and tracheids; and (iv) water vapor flow to the atmosphere through the stomata, the key regulators of the rate of transpiration. For this to occur efficiently, anatomical, cellular, and molecular adjustments need to occur along the pathway of water movement, both in the cells comprising the radial path from the soil to the root xylem, in the xylem itself, and in aerial parts of the plant including leaves and stomata. For a background on the basic principles of this pathway, readers should consider earlier reviews [100, 101] . These adjustments in anatomical, cellular, and molecular features are necessary to mitigate soil and atmosphere conditions that exacerbate drought [102] .
A comprehensive understanding of how drought affects root traits and responses, particularly in natural ecosystems, remains elusive. The changes observed in roots of plants undergoing dehydration episodes largely depend on the duration of the exposure of the plants to dehydration, the species, other environmental conditions, and the methodology applied for analyses. Studies of trees over years of drought episodes are carried out to predict the consequences of prolonged climate change [11] . An important eco-physiological question is whether changes in root xylem and hydraulic traits result from extreme climatic events, frequency of changes, or changing average climatic conditions over time [103] . Accumulating evidence suggests that variability and extremes in climate are more important drivers of ecosystem processes than are the mean conditions. Several studies that experimentally imposed climate extremes via field experiments clearly described the negative impact of extreme drought on xylem hydraulic function and productivity [103] . Local extremes were closely linked to specific hydraulic conductivity in two Mediterranean oak species. Therefore, more frequent or more intense extreme drought events might overcome the adaptive limits of vascular transport, resulting in substantial reduction of hydraulic functionality, and hence, an increased incidence of xylem dysfunctions.
Meta-analysis of forest and woodland species from temperate and tropical regions showed a significant increase in the root-to-shoot ratio, along with a decrease in annual precipitation [11] . In another analysis, seedlings from dry forests were found to have a higher belowground biomass and deeper roots than seedlings from moist forests. These studies suggest that trees respond to water deficit by increasing their root-to-shoot ratios and rooting depth [11] . Under moderate drought, plants maintain their aboveground growth and competitiveness as long as possible. In contrast, under severe drought conditions, there is a shift to a larger root biomass with reduced shoot growth.
A more recent meta-analysis of over 120 studies under field conditions to examine the responses of 17 drought variables associated with root traits revealed that drought significantly decreases root length and root density but increases root diameter. Drought also significantly increases the root-to-shoot mass ratio. One of the most dramatic recorded changes associated with drought was an increase in root cortical aerenchyma by over 90% [104] . Another recent report concerning cereals [105] suggests that fewer axial roots, loss of parenchyma to aerenchyma, larger cortical cell size, and a reduced number of cortical cell files are more suitable for water acquisition under drought conditions. Moreover, it is important to bear in mind that root systems that are most suitable for water acquisition from deep strata would not necessarily be optimal for acquiring some minerals that are mostly present in shallow strata [105] . For example, root architectural traits that are associated with top soil foraging (e.g., for phosphorus) will have more adventitious roots, a smaller root diameter, shallower basal roots, more dispersed lateral roots, greater root biomass, longer and denser root hairs, more exudates (organic acids, protons, and phosphatases), and more mycorrhizas [105] . In contract, nitrate, which is more soluble and is found in deeper soil layers, can be acquired by deep roots.
It should also be remembered that herbaceous plants differ from woody plants that undergo extensive secondary growth [11] , which in itself can respond to drought conditions. For example, the diameter of xylem conduits and the thickness of their cell walls can be modified, resulting in increased resistance against cavitation in the vascular tissues. Thus, trees have effective mechanisms to cope with dehydration that differ from those of herbaceous plants [11] .
Other root traits associated with improved water economy in trees under drought are related to cell wall composition. For example, enhanced deposition of suberin and lignin. Suberin is a hydrophobic polymer and is an important component of endo-and exodermal cells, as well as the cork cells of the periderm in woody plants. Drought enhances the formation and deposition of root suberin, which reduces water loss from the soil and daytime transpiration. It also enhances water-use-efficiency [11] . Enhanced deposition of suberin may affect the balance between the pathways of radial water movement from the soil to the xylem and the apoplastic or cell-to-cell (symplastic and transcellular) movement. Changes in the expression of aquaporins also play a role in regulating water movement [101, 106] . In the presence of heavily suberized roots, the apoplastic component of radial water flow may be too small, and the regulation of radial water flow by water channels dominates [106] . Lignin is also a major component of the vascular plant cell wall, providing mechanical support. In woody plants, drought can result in thickening and tightening of xylem tracheids, partly by the enhanced lignification of wall polymers [11] .
Finally, acclimation to dehydration also involves long-distance communication between roots and shoots, and vice versa. Recently [107] it was reported that the Arabidopsis CLAVATA3/EMBRYO-SURROUNDING REGION-RELATED 25 (CLE25) peptide transmits water-deficiency signals from roots through the vascular tissues to the shoot. It affects abscisic acid biosynthesis and stomatal control of transpiration in association with BARELY ANY MERISTEM (BAM) receptors in leaves [107] . Other long-distance root-to-shoot communication may include electric signals, hydraulic signals, volatile signals and second messengers like Ca 2+ and ROS [108] . In addition, there are indications of a root-to-root communication system, of yet unidentified nature, that may contribute to plant acclimation under water or nutrient limiting conditions [17] . Therefore, root plasticity in response to fluctuation in soil hydration is linked to shoot performance through two-way signaling processes and may also be influences by root-to-root signaling.
Plasticity of the Soil-Root-Microbe Interface-Its Relevance to Water Acquisition
In recent years, soil-root-microbe (rhizobiome) interactions have gained increasing attention and have become potential targets for improvement in order to enhance plant nutrition and resistance to both biotic and abiotic stresses including drought. Soil is considered by some researchers as the most complex biomaterial on the planet [109] , and its interactions with plant roots are complex. The rhizosphere is the volume of soil adjacent to the plant roots that is affected by the roots. Root growth during cell elongation and root exudation may improve conditions for microbial colonization and pore geometry modifications of the rhizosphere by microbes [110] . There are clear differences in hydraulic properties between rhizosphere and bulk soil [37] . In addition, the abundance and function of microbes is dependent on the carbon substrates available in the rhizosphere, derived from the roots or from the breakdown of organic matter. These processes may also modify the water retention and hydraulic conductivity of the soil. However, it is not clear how rhizosphere properties and processes interact in the root zone to affect water flow towards the root system. Within the rhizosphere, there is a zone of a few millimeters of soil that closely adheres to the root system, termed the rhizosheath. This zone has strong interactions between root exudates and soil habitat, and the development of the rhizosheath itself could be viewed as a precursor to stronger interactions between roots, soil habitat, and microbial activity [110] .
Mucigel surrounds roots [111] and is composed of compounds derived from both the roots and associated microorganisms. Mucigel, along with root hairs and fungal hyphae [19] , is responsible for the agglutination of soil particles. Under conditions of water depletion, hydraulic conductivity in the soil decreases and the root may be unable to acquire sufficient water. Exudation of mucigel by the root may allow the root to form hydraulic bridges between the epidermis and the surrounding soil particles. Thus, water content may be higher near the root epidermis due to the water-holding capacity of the mucigel [112] .
Interestingly, roots redesign their rhizosphere to alter the three-dimensional physical architecture and water dynamics [113] . These authors further suggest that breeding for rhizosheath architectures and function may be a future avenue for better designing crops in a changing environment.
The dynamic nature of the soil-root-microbe interface is affected by multiple processes, including root/microbe exudates that alter the hydrophobicity of soil pores, root cap cells sloughing from the root tip to the pore surfaces, depositing carbon sources within the rhizosphere, as well as the flow of solutes and carbon from the root, which alters conditions in the rhizosphere. Root exudation impacts the soil microbial community, influences resistance to pests, supports beneficial symbioses, alters the chemical and physical properties of the soil, and inhibits the growth of competing plant species [114] . It was estimated that the rhizosphere volume represents half of the total soil volume in a tilled surface [115] . Thus, the rhizosphere and associated rhizosheaths affect a substantial proportion of the total soil volume and functionality of the soil ecosystems.
Discussion

Understanding the Basis of Root Behavior and Plasticity
In their seminal book "The Power of Movement in Plants", Darwin and Darwin [67] postulated that "the tip of the root acts like the brain of a lower animal, receiving impressions from the sense organs, and directing the several movements". Later, J.C. Bose [116] suggested that plants and animals have essentially the same fundamental physiological mechanisms, and that plants coordinate their movements and responses to the environment through electrical signaling. Bose further suggested that all plants are sensitive explorers of their world, responding to it through a fundamental, pulsatile motif involving coupled oscillations in electric potential, turgor pressure, contractility, and growth (reviewed by [117] ). Although several aspects of Darwin's 'root-brain' hypothesis remain controversial, as recently discussed [118] , it is widely accepted that plants perform sophisticated information processing and computation, which rely on learning and memory [119] [120] [121] [122] [123] [124] [125] . These features are common to plants and animals, and underlie their adaptation to the continuously changing environment [126, 127] . A major challenge emerging from Darwin's hypothesis (often referred to as the metaphoric 'Root-Brain' hypothesis) is to understand how the different stimuli are perceived and processed by the root tip, leading to "decisions" that underlie root behavior, including, for example: (i) Direction of growth (curvature and angle relative the gravity vector); (ii) the extent of growth (acceleration or arrest); (iii) root branching (the formation of lateral or adventitious roots); (iv) the emergence of root hairs; and (v) other anatomical, morphological, and metabolic adjustments. These behavioral aspects rely on coordinated cell divisions and elongation of various root cell types, and on communication between cells [124] . The outcome of the continuous interactions between the plant's pre-disposed developmental program, inherent in the genome, and the ever-changing environment is the establishment of a 3D root architecture that reflects the tremendous plasticity of root development. However, to date, knowledge about the mechanisms underlying root behavior and the responses to its environment is fragmented. It is believed that no single cell makes decisions on behalf of an organ [124, 126] . Rather, organ-scale decision-making occurs in a distributed fashion and emerges from the collective states of individual cells, similar to neurons in animals [119, 123, 124] . Moreover, roots are probably not pre-programmed to respond to all of the almost infinite possible microenvironments. Rather, there are probably certain genetically dictated rules under which cells, tissues, and organs integrate the multiple signals originating from interactions with their environment.
Molecular genetics, combined with advanced imaging technologies of both soil-grown plants [30] and in vitro-grown plants using state-of-the-art microscopy [35, 56] , now enable to study root behavior in greater detail, revealing root responses to environmental cues including their pursuit of water. However, several fundamental questions remain unanswered: How do roots respond to multiple stimuli that are perceived simultaneously? How do roots quantify different environmental stimuli? How are pre-determined response hierarchies (e.g., water deficiency overcomes gravity) integrated into the root's environmental information processing system? How do roots respond to symmetrically versus asymmetrically distributed stimuli? And, how much of the 3D environment surrounding the root does a root actually sense and respond to? Answers to these questions require the ability to analyze and image roots and signals within the roots on a three-dimensional level and at different scales of cellular organizations, ideally ranging from subcellular organization, to single cells, tissues, whole organ, and whole plant. Such studies should be combined with cell-specific whole-genome 'omics' and analyzed using a system biology approach and computational modeling [128] [129] [130] . In addition, the molecular mechanisms underlying signal perception and transduction need to be elucidated down to their atomic level structures, because sensing and transducing cellular signals may be explained by specific atomic-level changes within a single molecule, or within a complex of molecules. Finally, as technologies improve and, consequently, more data are obtained, mathematical modeling and machine-learning approaches [131] must be applied to elucidate the principles underlying root behavior and their interaction with the environment. In this respect, plant biologists may benefit from earlier studies in other systems and previously described decision-making theories [132] . Finally, understanding root behavior in response to environmental cues may help predict how climate change affects plant ecology and, at the same time, provide tools for crop breeding by manipulating root plasticity and optimizing root development and proliferation.
Targeting Root Traits for Crop Improvement
The first 'green revolution' in the mid 20th century relied on improving cereal crops for higher yields by increasing the use of fertilizers and by identifying dwarf varieties that did not lodge. It has now become increasingly clear that further agricultural developments are needed to enhance food production by 70% by 2050 [1] . This requires a 'second green revolution' [105] that should aim at increasing yields and product quality along with reducing agricultural inputs and environmental impacts, while facing the challenges of both biotic and abiotic threats associated with increasing climate change. It was suggested that the highest potential of increasing global crop yields lies in marginal lands and in developing countries [1] . Moreover, the challenge of maintaining and improving yields with low water supply and quality will be critical, and increased tolerance of crops to drought (and salinity) is needed [1, 39] . Therefore, root traits that improve water acquisition are major targets for genetic manipulation.
Giehl and von Wirén [133] suggested that from the perspective of water acquisition, breeding crops with a predefined root system architecture may be less appropriate than exploiting plasticity and sensing mechanisms to improve root adaptability to spatial and temporal variations in soil moisture. In this context, manipulating the molecular mechanism and tapping into possible natural allelic variations in hydropatterning, xerotropism, and hydrotropism have potential for breeding crops that are better able to withstand environmental stresses.
Success in identifying genes that underlie root traits associated with drought tolerance and water acquisition is promising for developing crops better suited for agriculture under low and less stable water supplies. Improved genomic tools that can now be applied to numerous plant species, including major crops, with fast-developing root phenotyping systems in vitro, in soil, and in the field, together with bioinformatics and computational biology tools, provide the basis for better understanding root behavior and for developing crops more suitable for a sustainable agriculture. The aim is to achieve higher yields and better quality, but with reduced agricultural inputs and environmental footprint.
However, to succeed, these advanced plant science tools and advanced technologies must be integrated into other agricultural management disciplines [134] , while considering human cultural diversity [135] and specific and often diverse needs in developing countries. If we are to build a sustainable and desirable future, we need to be able to understand, model, and value complex social-cultural-agricultural-ecological systems in a comprehensive way [136] .
Author Contributions: The review was written by H.F. 
